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The appearance and shape of sesamoid bones within a tendon
or ligament wrapping around a joint are understood to be
influenced by both genetic and epigenetic factors. Ostriches
(Struthio camelus) possess two sesamoid patellae (kneecaps),
one of which (the distal patella) is unique to their lineage,
making them a good model for investigating sesamoid tissue
development and evolution. Here we used finite-element
modelling to test the hypothesis that specific mechanical
cues in the ostrich patellar tendon favour the formation of
multiple patellae. Using three-dimensional models that allow
application of loading conditions in which all muscles, or only
distal or only proximal muscles to be activated, we found
that there were multiple regions within the tendon where
transformation from soft tissue to fibrocartilage was favourable
and therefore a potential for multiple patellae based solely
upon mechanical stimuli. While more studies are needed to
better understand universal mechanobiological principles as
well as full developmental processes, our findings suggest
that a tissue differentiation algorithm using shear strain and
compressive strain as inputs may be a roughly effective
predictor of the tissue differentiation required for sesamoid
development.
2017 The Authors. Published by the Royal Society under the terms of the Creative Commons
Attribution License http://creativecommons.org/licenses/by/4.0/, which permits unrestricted
use, provided the original author and source are credited.
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1. Introduction
Sesamoid bones, or bones that are found within a tendon or ligament near a joint, have broadly been
neglected in a comparative and developmental context [1,2]. Tsai & Holliday [3] described an unusual
sesamoid structure, made of fibrocartilaginous tissue, in the jaw joint of Crocodylia, suggesting that
sesamoids need not only be ossified structures. Samuels et al. [4] reviewed and updated information on
the evolution and development of patellar sesamoid bones in mammals, finding about five independent
origins of a bony patella in Mammaliaformes and multiple losses (and possibly regains) in marsupials
and other lineages. Regnault et al. [5] discovered that the closest living relative of lizards and snakes
(Squamata), the tuatara (Sphenodon), has a bony patella, raising the question of whether this trait is
ancestral for both of these clades. While the appearance and shape of sesamoids are understood to
be influenced by both genetic and epigenetic factors, the specific mechanical cues underlying their
transformations are unknown [6].
Ostriches (Struthio camelus Linnaeus 1758), the largest living birds, have two patellae (kneecaps; tibial
sesamoids) located proximally and distally within the patellar tendon [7]. The rest of ratite birds split
from ostriches approximately 80 million years ago [8,9]. As shown in figure 1, the morphology observed
in the knee joint of ostriches is unique in many ways [10], with the rest of ratites possessing a single small
flake of bone proximally, no patellae at all, or ambiguous morphology [11]. The patellae of ostriches
are embedded in a thick fascial layer that continues from the proximal patella to the proximal end
of the distal patella. Uniarticular, femorotibial muscle–tendon units insert onto the proximal patella.
Other parts of the femorotibial complex, and the biarticular hip flexor/knee extensor M. iliotibialis
cranialis, insert onto the distal patella. Furthermore, the distal patella is the partial origin for distal limb
musculature including the lateral and medial gastrocnemius as well as M. fibularis longus (figure 1).
Chadwick et al. [10] hypothesized that this anatomy of muscles, tendons and sesamoids would result
in complex compressive and tensile stresses on the patellae as well as shear loading in the tissues
surrounding the femorotibial joint.
No other ratites (or, indeed, other birds yet described; to our knowledge) have a distal patellar
sesamoid. Curiously, the distal patella comes very close to having a direct articulation with the tibial
crest (crista cnemialis cranialis) of the tibiotarsus, with only an abbreviated strand of connective tissue
interposed between them. In contrast, the single small flake of bone found in some ratites seems to be the
ancestral form of the patella for crown group birds plus some close relatives (the clade Ornithurae),
but as the latter study described, many lineages of birds deviated from this form. Such deviations,
as in ostriches, raise interesting questions about biomechanical consequences of changes in sesamoid
bones (e.g. for muscle and joint function, or more broadly for locomotor behaviour) as well as about
developmental (e.g. mechanobiological) factors involved in evolutionary transformations of form and
function. Following a detailed anatomical investigation [10], we now aim to investigate, using computer
simulations, whether this difference in ostrich patellar form and development is spatially linked to any
specific mechanobiological factors.
Mechanical factors are known to influence many skeletal processes, including epiphyseal
development, long bone growth, sesamoid cartilage ossification and fracture healing, and all have been
subjected to mechanobiological finite-element modelling. This modelling of tissue differentiation (see
figure 2) is based either upon linearly elastic or poroelastic material properties. The latter takes into
account fluid flow through the tissue [13–16] and because this largely occurs on a time scale longer
than that of most physiological loading, a linearly elastic model is thought to be nearly equivalent
over short time intervals [17]. We therefore chose to apply a quasi-static model (i.e. infinitesimal time
interval) and to use linearly elastic modelling in this tissue differentiation framework to explore, herein,
the spatial relationships between specific mechanobiological factors in loaded ostrich patellar tendon
and the singular phenomenon of multiple patellae development in ostriches.
In order to identify mechanical environments that favour different tissue transformations, linear
elastic studies have used two parameters to map stress/strain states onto two-dimensional diagrams
that define tissue differentiation [12,14,18–21]. Figure 2 shows a diagram which represents the general
insights of these previous diagrams, independent of absolute boundaries; for further details, see the
publications cited above.
Here, we model the mechanobiology of the ostrich patellar tendon in order to examine
its potential for tissue transformation. Our model is three-dimensional and thus captures the
unusual and complex loading that is expected to prevail in this region, providing an advance in
mechanobiological analysis. We hypothesize that both the proximal and distal patellae have developed
as a result of a mechanical environment which favours multiple centres of ossification. Models of
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Figure 1. Adult ostrich knee skeletal anatomy reconstructed from computerized tomography (left) andmuscular anatomy reconstructed
frommagnetic resonance imaging (right), medial view; with major structures labelled.
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Figure 2. Tissue differentiation diagram based on Shefelbine et al. [12]. The horizontal axis represents positive (tensile) to negative
(compressive) hydrostatic strain. The vertical axis represents low to high octahedral shear strain. This study models the transformation
from soft tissue (red zone) to fibrocartilage (purple zone) based on the criterion of high compression and high shear.
an ostrich’s patellar tendon with digitally removed patellae were constructed in order to test this
hypothesis.
2. Methods
In order to clarify the mechanobiological factors underlying why the two ostrich knee sesamoids
develop, a representative adult ostrich’s (71.3 kg, skeletally mature male) patellar tendon was modelled
in finite-element analysis software (Abaqus, Dassault Systèmes Simulia Corp., Boston, MA) under
simulated in vivo loading conditions. The patellae were digitally removed, and the tendon was modelled
as a continuous and homogeneous tissue. This allowed for the modelling of both (approximately) the
early evolutionary and early ontogenetic states of the patellae in ostriches. The ostrich cadaver specimen
used was from a prior study [10] and had been acquired from a local farm after being euthanized for
reasons unrelated to this study.
Previous studies of the mechanobiology of a tendon wrapping around a joint have exclusively been
two-dimensional, with idealized geometry [6,13,19], or representative of embryonic development before
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Table 1. Forces used in the model, taken from RCMCC simulation in Rankin et al. [24].
muscle group force (N) loading group
M. iliotibialis cranialis 66 proximal
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .
Mm. femorotibialis intermedius, femorotibialis lateralis pars
proximalis, femorotibialis lateralis pars distalis
1127 proximal
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .
M. gastrocnemius lateralis 501 distal
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .
M. gastrocnemius medialis 547 distal
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .
M. fibularis longus 677 distal
. . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . . .
fibrous tendon formation [16]. The ostrich knee is also known to have substantial three-dimensional
components [22,23]. Therefore, three-dimensional models were employed in this study, with geometry
taken directly from a scanned specimen (see below). Many parameters define each model, and these
parameters were taken from magnetic resonance imaging (MRI)/computerized tomography (CT) scans,
dissections, and past modelling studies, along with some commonly used assumptions in the literature,
as follows.
2.1. Bone and tendon meshes
The bone and tendon shapes used in the models came from segmented CT and MRI scans (in Mimics
software; Materialize, Inc., Leuven, Belgium) that we previously described [10]. The volumes used to
model the femur and tibiotarsus were created by first exporting the relevant three-dimensional objects
from Mimics to 3-matic software (v. 9.0, Materialise, Inc., Leuven, Belgium). A split in the patellar tendon,
separating a deep layer and superficial layer, was observed during anatomical dissections [10]. In order
to more realistically model this split in the tendon, a Boolean operation was performed in 3ds Max
software (v. 2016, San Rafael, California, USA) using a volume representing the small gap between the
tendon parts. In 3-matic, the tendon was converted into a tetrahedral volume mesh formed of 37 767
elements while the femur and tibiotarsus were converted into triangular surface meshes of 12 848 and
22 548 elements, respectively. Results obtained using a more refined tendon mesh (5 937 832 tetrahedral
elements) demonstrated similar patterns observed with the primary model mesh.
2.2. Muscles and loading
The attachment sites of all muscles were determined primarily through dissections, with segmented
volumes [10] supporting these observations. Muscle force magnitudes were taken from a previously
generated forward dynamic simulation [24] conducted using a musculoskeletal model [23] of an ostrich
pelvic limb. That simulation’s subject had a body mass of 78.7 kg but given the modest (10% larger)
differences in size and the exploratory nature of this study, the force magnitudes taken from the
simulation were not scaled down to match our representative subject’s. The experimental data used in
the simulation were re-used from a prior study [22] (see also [24]). The kinematics and kinetics for this
simulation were taken from slow running (3.46 m s−1, duty factor: 0.40, peak vertical ground reaction
force: 1897 N (i.e. 2.7 times body weight)) to match the position of the modelled joint. The directions of
all muscle vectors were approximated from segmented muscles’ volumes and muscle origin/insertion
sites [23] (table 1).
In order to better visualize the effects of different muscle groups, models were created for three
different loading conditions: all the muscles activated (most realistic condition; table 1), only muscles
proximal to the tendon activated (i.e. thigh muscles such as M. femorotibialis), and muscles distal to
the tendon activated (i.e. shank muscles such as M. gastrocnemius). With these three loading conditions
represented, we could observe the sensitivity of the results to a spectrum of loading conditions and the
direct effects of each muscle group. These conditions enabled us to examine the diversity of forces that
might influence sesamoid formation. However, for simplicity only one instant (one posture near peak
loading during slow running) was investigated here; data on faster running were not available, and
the best anatomical imaging data (from [10]; MRI and CT scans) could only be obtained for the limb
orientation used here. Nonetheless, the open nature of the data in our study means that future studies
could use these data to examine other morphologies, loading conditions, postures or behaviours.
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Figure 3. Finite-element model boundary conditions. (a) Cranial view of meshed model assembly, (b) cranial view of distal loads,
(c) medial view of proximal loads, (d) caudal and medial view of fixation nodes, (e) medial view of the spherical coordinate system
used for the tendon’s material orientation.
2.3. Boundary conditions and interactions
All the parts in the model were constrained to closely approximate in vivo attachments and interactions.
During proximal muscle activation simulations, in order to fully constrain the model during each loading
condition, the distal end of the tendon was fixed and during distal muscle activation simulations, the
proximal end of the tendon was fixed. Surface-to-surface contact was defined between the tendon and
rigid femur, and self-contact was defined between the two inner surfaces where the patellar tendon
splits. These contact boundary conditions allowed the two surfaces to touch, slide against each other,
and transfer stress without intersecting.
2.4. Material properties
The patellar tendon was assumed to be a linearly elastic, orthotropic material. There is a range of
material properties in the literature for the hindlimb tendons of birds and other species. The reported
longitudinal elastic modulus ranges between about 216 MPa and 1.97 GPa [25,26]. Some of this variation
is due to mineralization of the tendons in some smaller bird species, but ostriches show no such
mineralization (e.g. [27–29]). Therefore, the higher-end values within that variation would not be realistic
assumptions for ostriches. Regardless, because of this variation, we used values similar to those from
previous modelling studies to facilitate more direct comparisons. Thus, longitudinal (along-fibre) and
lateral elastic moduli were assumed to be 800 MPa and 8 MPa, respectively; Poisson’s ratio was 0.497,
and the shear modulus was 2.7 MPa [6,13,19]. The femur (including the M. tibialis cranialis tendon
origin; figure 4) and tibiotarsus were modelled as rigid bodies. The local coordinate system defining the
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longitudinal and lateral fibre directions of the tendon was approximated using a spherical coordinate
system to simulate tendon fibres three-dimensionally wrapping around the femoral condyles (figure 3).
2.5. Mechanobiological stimuli calculations
Additional field outputs needed to be computed after the simulation in order calculate the variables of
interest. The hydrostatic strain and octahedral shear strain used in the tissue differentiation diagram
were calculated through the use of the first and second strain invariants (equations (2.1) and (2.2)).
I1 = ε11 + ε22 + ε33 (2.1)
and
I2 = ε11ε22 + ε22ε33 + ε11ε33 − ε212 − ε223 − ε213. (2.2)
These invariants were used to calculate the hydrostatic strain and octahedral shear strain (equations
(2.3) and (2.4)).
εhyd =
1
3
I1 (2.3)
and
εshear =
1
3
√
2I21 − 6I2. (2.4)
3. Results
We hypothesized that a mechanical environment favouring multiple centres of ossification underpins the
development of paired proximal and distal patellae in an ostrich. Through the three loading models, we
were able to estimate the influence of each muscle group on the strain within the tendon. Generally, we
found that compressive strain occurred where the tendon was being pushed against the femur, tensile
strain occurred in the superficial regions where it wrapped around the femur, and shear predominated
adjacent to boundary conditions fixing a surface.
3.1. Proximal loading model
There were two unique regions of high compression within the proximally loaded tendon (figure 4):
located distally and proximally, along the tendon–femur contact surface.
There were also two regions of high shear within the proximally loaded tendon (figure 4). The most
pronounced was located distally and mostly superficially, primarily lateral to the M. tibialis cranialis
tendon. The second, less pronounced region of high shear was located proximally, just above the lateral
femoral condyle.
There were two regions where high compression and high shear coincided within the proximally
loaded tendon, consistent with a greater potential for fibrocartilage transformation at these two locations.
The region of greatest compression and shear was located around the contact with the M. tibialis cranialis
origin and the other region was along the proximal edge just above the lateral femoral condyle.
3.2. Distal loading model
There were approximately three unique regions of high compression within the distally loaded tendon
(figure 5). The region of greatest compression was located around the interface of the superficial and deep
tendon layers, extending to the superficial surface as well as the femoral contact surface. Another region
of large compression was located proximally along the femoral contact surface, above the lateral femoral
condyle. The final region experiencing considerable compression was located along the tendon’s contact
surface with the femur, but below the largest prominence of the lateral femoral condyle and medial to
the M. tibialis cranialis origin.
There was one primary region of high shear within the distally loaded tendon, which was located
above the lateral femoral condyle, extending from the femoral contact surface through the superficial
tendon layer.
There was one clear location in the distally loaded tendon in which high compression and high shear
coincided, indicating greater potential for fibrocartilage transformation. This was located around the
interface of the superficial and deep tendon layers close to the femoral contact surface.
 on June 16, 2017http://rsos.royalsocietypublishing.org/Downloaded from 
7rsos.royalsocietypublishing.org
R.Soc.opensci.4:170133
................................................
3000 µe
20 000 µe
0 µe
–3000 µe
tension
compression
high
shear
tendon
patella
lateral medial
low
Figure4. Results fromproximal loadingmodel. Comparewithfigure 3e formorphological context. Top row: Tensile (red) and compressive
(blue) hydrostatic strain visualized in six section cuts of the tendon. Middle row: High (red) and low (blue) octahedral shear strain
visualized in six section cuts of the tendon. Strain gradients are visualized nonlinearly by maximum and minimum values (shown on
legend), toprevent saturation. Bottomrow: Theanatomyobservedat eachof the six section cuts, includingpatellae. Yellowcircles indicate
regions where compressive hydrostatic strain and high octahedral shear strain both occur. *Origin of the M. tibialis cranialis tendon.
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Figure 5. Results from distal loading model, in the same format as figure 4.
3.3. Full loading model
There were three unique regions of high compression within the fully loaded tendon (with both proximal
and distal tensile forces; figure 6). The largest was located proximally along the femoral contact surface,
above the lateral femoral condyle. The second largest was located along the tendon’s contact surface with
the femur, but below the largest prominence of the lateral femoral condyle and primarily medially and
laterally to the M. tibialis cranialis tendon’s origin. Finally, there was a smaller amount of compression
located at the union of the superficial and deep tendon layers.
There were two prominent regions of high shear within the fully loaded tendon. The largest region
was located proximally in the deep tendon layer, above the lateral femoral condyle, extending from the
femoral contact surface to the superficial tendon layer contact surface. A smaller region of high shear
was located along the femoral contact surface, medial to the lateral femoral condyle.
There was one distinct region of the fully loaded tendon in which high compression and high shear
coincided, indicating greater potential for fibrocartilage transformation. This was the proximal region
along the femoral contact surface and above the lateral femoral condyle.
Based on the results from all three models, we infer that strains favouring tissue transformation into
fibrocartilage occur in multiple regions of the ostrich patellar tendon.
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Figure 6. Results from full loading model, in the same format as figure 4.
4. Discussion
The models presented herein indicate, foremost, that there is no single definitive region favouring tissue
transformation. Instead, the models indicate that there are multiple, likely two or three such locations
in the loaded patellar tendon model. Our data show that compressive strains prevailed (as expected) at
the interface between the patellar tendon and femur, while the superficial region of the patellar tendon
experienced mainly tensile strains, and the boundary conditions of our model’s surfaces resulted in
shear strains. These findings are broadly consistent with the predictions made previously by Chadwick
et al. [10] based purely upon the complex anatomy of the knee joint region in ostriches. Indeed, our finite-
element analysis reinforces, to a general, qualitative degree, the predictions of biomechanical loading
based upon anatomical form and using only biomechanical principles. The major finding of our analysis,
in terms of tissue differentiation theory (figure 2), is that high compressive and shear strains—which
would favour a localized enrichment of tissue with fibrocartilaginous composition as well as its ultimate
ossification—do roughly match the position of the proximal patella in particular, but this match is not
perfect. Additionally, the results of our analysis do not correlate well with the possible emergence of the
distal patella as a result of its mechanical environment, which is a curious finding that we explore below.
A precise match of our results is not expected, however, given the simple, static nature of our model,
the emphasis on one instant in locomotion where moderately large loads occur in one joint posture, and
the focus on adult morphology rather than actual ontogenetic transformation. Nevertheless, our results
remain relatively robust under diverse loading conditions and are strengthened by the three-dimensional
nature of the biomechanical models. These results suggest that unique features in the ostrich patellar
tendon morphology and local loading environment may support the development of two patellae,
which is consistent with our hypothesis that a mechanical environment favouring multiple centres of
ossification is correlated with the development of paired proximal and distal patellae in the ostrich.
It is likely that ostriches develop their patellae late in their ontogeny, similar to humans. Wagner [30]
found that the onset of patellar ossification in ostriches occurred between six months and one year of
age. This corroborates with our CT scan of a newly hatched ostrich chick (J.R.H., uncatalogued RVC
specimen) that shows no sign of ossified patellae (though a cartilaginous precursor could exist without
being seen in CT) and an underdeveloped proximal tibial epiphysis (figure 7). Our further examinations
of 10 other specimens of similar age supported this morphology as typical of very young ostriches. More
research on sesamoid ontogeny in ostriches and other birds is needed, but if this inference is correct,
then modelling an ostrich tendon without patellae is likely also akin to modelling a juvenile (post-
hatching) ostrich before patellar development occurs; we acknowledge that size and shape, locomotor
dynamics, and tissue properties are likely to differ, and thus our modelling procedure is only a rough
approximation.
It is also strongly suspected that the two patellae in the ostrich evolved at different times in ostriches’
evolutionary history, with the proximal patella being ancestral for extant birds including ostriches and
thus 100+ million years old, whereas the distal patella evolved sometime after ostriches diverged from
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Figure 7. Newly hatched ostrich chick knee (right limb in oblique craniolateral view) reconstructed from CT scan, showing an
underdeveloped proximal tibial epiphysis and an absence of patellae (cf. figure 1).
other birds approximately 80 million years ago [11]. This unusual evolutionary history further justifies
the diverse loading conditions (i.e. proximal, distal and full loading models) we used in our study.
As it is younger in an evolutionary sense, the distal patella might not only have evolved along a
different developmental pathway or even mechanism, but might also exhibit a different sensitivity to its
mechanical environment than the proximal patella. It is, regardless, unclear if any avian patellae are more
‘genetically assimilated’ than in mammals or lepidosaurs [2,11]. Illumination of this question would
require more studies of embryonic/postnatal ontogeny, ideally across multiple species and loading
conditions.
This study provides a pilot framework that future studies can build upon. Without making the model
iterative in its material properties based on a feedback loop, similar to Shefelbine et al. [12], we are unable
to draw any conclusions based on the actual locations of favourable tissue strains within the tendon and
their relation to the observed patella locations in the adult ostrich. Also, this type of tissue differentiation
analysis has thus far only been applied to fracture healing; however, the mechanisms by which fracture
healing develops new bone may differ from those of epiphyseal development, long bone development,
and sesamoid ossification.
Herein, we have assumed that the patellar sesamoids form through a pathway (following tissue
differentiation theory as in figure 2) involving a fibro-cartilaginous transitional phase. The assumed
remaining pathway to endochondral ossification (not included in this study) would be that an increased
modulus of fibrocartilage (relative to fibrous soft tissue; e.g. dense tendon) reduces compressive and
shear stresses and creates a mechanical environment that ultimately favours ossification. This idea of a
cartilaginous transition phase is a commonly held notion, and validated in other species, including some
birds, which possess cartilaginous patellae during development [31–33]. The ontogenetic development
of ostrich patellae has not yet been well documented, so we cannot be sure that a cartilaginous
phase exists although it would be somewhat surprising if there was not one. If ostrich patellae do
not form through endochondral ossification, they may form through fully metaplastic ossification,
which may follow similar mechanobiologically driven processes but without the cartilaginous tissue
intermediary. Considering that patellae are known to have evolved at least three times in tetrapod
vertebrates [1,4,5,11,34], it is plausible that one or more of these evolutionary events may involve
different routes of differentiation to ossified bone.
Previous studies performed on sesamoid bone development have thus far been limited to two-
dimensional models with idealized geometry [6,13,19] or embryonic development before fibrous tendon
formation [16]. Our study provides the first analysis of developmental stimuli on sesamoid bone
formation in fibrous tendon in three-dimensional models. Therefore, this study could act as an example
to be extended to more sesamoid bones (or unossified patellae; e.g. [11]), including when they occur
as a single patella, when they articulate directly with bone, and in other independent evolutions of the
patellae including those in Mammalia and Squamata [1,5,11,34]. Further studies similar to this, across
the diversity of existing sesamoids, are necessary to uncover any fundamental principles which govern
sesamoid development, both in evolutionary and ontogenetic contexts.
Ethics. Ethical approval or informed consent were not required for this study. Ethical approval for the cadaver
acquisition and analysis was not required for this study.
 on June 16, 2017http://rsos.royalsocietypublishing.org/Downloaded from 
10
rsos.royalsocietypublishing.org
R.Soc.opensci.4:170133
................................................
Data accessibility. The full finite-element model used in this study can be downloaded from figshare (doi:10.6084/m9.
figshare.4600309), as well as the original CT (doi:10.6084/m9.figshare.4600312) and MRI (doi:10.6084/m9.figshare.
4600339) scans used in the construction of the model.
Authors’ contributions. K.P.C. carried out the simulations and data analysis, participated in the design of the study, and
drafted the manuscript; S.J.S. participated in the design of the study and data analysis as well as manuscript drafting;
A.A.P. participated in the design of the study as well as manuscript drafting; J.R.H. conceived of the study, designed
the study, coordinated the study and helped draft the manuscript. All authors gave final approval for publication.
Competing interests. The authors declare no competing interests.
Funding. This research was funded by a grant from the Leverhulme Trust to J.R.H. and A.A.P., and funding to J.R.H.
under Biotechnology and Biological Sciences Research Council (UK) grant no. BB/I02204X/1.
Acknowledgements. We thank Jeffery Rankin for assistance obtaining the muscle and joint loads entered into our model,
and Vivian Allen and Sophie Regnault for additional input during this study. Constructive reviews by Victoria Arbour
and Andrew Phillips, as well as editor Kevin Padian, are greatly appreciated.
References
1. Dye S. 1987 An evolutionary perspective of the knee.
J. Bone Joint Surg. 17, 587–611. (doi:10.2106/0000
4623-198769070-00004)
2. Vickaryous MK, Olson WM. 2007 Sesamoids and
ossicles in the appendicular skeleton. In Fins into
limbs: evolution, development and transformation
(ed. BK Hall), p. 341. Chicago, IL: The University of
Chicago Press.
3. Tsai HP, Holliday CM. 2011 Ontogeny of the Alligator
cartilago transiliens and its significance for
sauropsid jawmuscle evolution. PLoS ONE 6,
e24935. (doi:10.1371/journal.pone.0024935)
4. Samuels M, Regnault S, Hutchinson JR. 2017
Evolution of the patellar sesamoid bone in
mammals. PeerJ 5, e3103. (doi:10.7717/peerj.
3103)
5. Regnault S, Jones MEH, Pitsillides AA, Hutchinson
JR. 2016 Anatomy, morphology and evolution of the
patella in squamate lizards and tuatara (Sphenodon
punctatus). J. Anat. 228, 864–876. (doi:10.1111/joa.
12435)
6. Sarin VK, Carter DR. 2000 Mechanobiology and joint
conformity regulate endochondral ossification of
sesamoids. J. Orthop. Res. 18, 706–712. (doi:10.1002/
jor.1100180505)
7. Macalister A. 1864 On the anatomy of the ostrich
(Struthio camelus). Proc. R. Ir. Acad. 9, 1–24.
8. Yonezawa T et al. 2017 Phylogenomics and
morphology of extinct paleognaths reveal the
origin and evolution of the ratites. Curr.
Biol. 27, 68–77. (doi:10.1016/j.cub.2016.
10.029)
9. Phillips MJ, Gibb GC, Crimp EA, Penny D. 2010
Tinamous and moa flock together: mitochondrial
genome sequence analysis reveals independent
losses of flight among ratites. Syst. Biol. 59, 90–107.
(doi:10.1093/sysbio/syp079)
10. Chadwick KP, Regnault S, Allen V, Hutchinson JR.
2014 Three-dimensional anatomy of the ostrich
(Struthio camelus) knee joint. PeerJ 2, e706.
(doi:10.7717/peerj.706)
11. Regnault S, Pitsillides AA, Hutchinson JR. 2014
Structure, ontogeny and evolution of the patellar
tendon in emus (Dromaius novaehollandiae) and
other palaeognath birds. PeerJ 2, e711. (doi:10.7717/
peerj.711)
12. Shefelbine SJ, Augat P, Claes L, Simon U. 2005
Trabecular bone fracture healing simulation with
finite element analysis and fuzzy logic. J. Biomech.
38, 2440–2450. (doi:10.1016/j.jbiomech.2004.
10.019)
13. Wren TA, Beaupré GS, Carter DR. 2000
Mechanobiology of tendon adaptation to
compressive loading through fibrocartilaginous
metaplasia. J. Rehabil. Res. Dev. 37, 135–143.
14. Lacroix D, Prendergast PJ. 2002 A
mechano-regulation model for tissue
differentiation during fracture healing: analysis of
gap size and loading. J. Biomech. 35, 1163–1171.
(doi:10.1016/S0021-9290(02)00086-6)
15. Loboa EG, Wren TAL, Beaupré GS, Carter DR. 2003
Mechanobiology of soft skeletal tissue
differentiation—a computational approach of a
fiber-reinforced poroelastic model based on
homogeneous and isotropic simplifications.
Biomech. Model. Mechanobiol. 2, 83–96.
(doi:10.1007/s10237-003-0030-7)
16. Roddy KA, Kelly GM, Van Es MH, Murphy P,
Prendergast PJ. 2011 Dynamic patterns of
mechanical stimulation co-localise with growth
and cell proliferation during morphogenesis in the
avian embryonic knee joint. J. Biomech. 44,
143–149. (doi:10.1016/j.jbiomech.2010.08.039)
17. Carter DR, Beaupré GS. 1999 Linear elastic and
poroelastic models of cartilage can produce
comparable stress results: a comment on Tanck
et al. (J. Biomech. 32:153–161, 1999). J. Biomech. 32,
1255–1256. (doi:10.1016/S0021-9290(99)
00123-2)
18. Carter DR. 1987 Mechanical loading history and
skeletal biology. J. Biomech. 20, 1095–1109.
(doi:10.1016/0021-9290(87)90027-3)
19. Giori NJ, Beaupré GS, Carter DR. 1993 Cellular shape
and pressure may mediate mechanical control of
tissue composition in tendons. J. Orthop. Res. 11,
581–591. (doi:10.1002/jor.1100110413)
20. Carter DR, Beaupré GS, Giori NJ, Helms JA. 1998
Mechanobiology of skeletal regeneration. Clin.
Orthop. Relat. Res. 355, S41–S55. (doi:10.1097/
00003086-199810001-00006)
21. Claes LE, Heigele CA. 1999 Magnitudes of local
stress and strain along bony surfaces predict the
course and type of fracture healing. J. Biomech.
32, 255–266. (doi:10.1016/S0021-9290(98)
00153-5)
22. Rubenson J, Lloyd DG, Besier TF, Heliams DB,
Fournier PA. 2007 Running in ostriches (Struthio
camelus): three-dimensional joint axes alignment
and joint kinematics. J. Exp. Biol. 210, 2548–2562.
(doi:10.1242/jeb.02792)
23. Hutchinson JR, Rankin JW, Rubenson J, Rosenbluth
KH, Siston RA, Delp SL. 2015 Musculoskeletal
modelling of an ostrich (Struthio camelus) pelvic
limb: influence of limb orientation on muscular
capacity during locomotion. PeerJ 3, e1001.
(doi:10.7717/peerj.1001)
24. Rankin JW, Rubenson J, Hutchinson JR. 2016
Inferring muscle functional roles of the ostrich
pelvic limb during walking and running using
computer optimization. J. R. Soc. Interface 13,
20160035. (doi:10.1098/rsif.2016.0035)
25. Bennett MB, Ker RF, Imery NJ, Alexander R. 1986
Mechanical properties of various mammalian
tendons. J. Zool. 209, 537–548. (doi:10.1111/j.1469-
7998.1986.tb03609.x)
26. Yamamoto E, Hayashi K, Yamamoto N. 1999
Mechanical properties of collagen fascicles from the
rabbit patellar tendon. J. Biomech. Eng. 121,
124–131. (doi:10.1115/1.2798033)
27. Gangl D, Weissengruber GE, Egerbacher M,
Forstenpointner G. 2004 Anatomical description of
the muscles of the pelvic limb in the ostrich
(Struthio camelus). Anat. Histol. Embryol. 33,
100–114. (doi:10.1111/j.1439-0264.2003.00522.x)
28. Landis WJ, Silver FH. 2002 The structure and
function of normally mineralizing avian tendons.
Comp. Biochem. Physiol. A Mol. Integr. Physiol. 133,
1135–1157. (doi:10.1016/S1095-6433(02)00248-9)
29. Gilbert MM, Snively E, Cotton J. 2016 The
tarsometatarsus of the ostrich Struthio camelus:
anatomy, bone densities, and structural mechanics.
PLoS ONE 11, e0149708. (doi:10.1371/journal.pone.
0149708)
30. Wagner M. 2004 Die Osteologie der
Hinterextremität und des Beckengürtels beim
Afrikanischen Strauß (Struthio camelus LINNÉ 1758).
Doctor Medicinae Veteriniae dissertation,
Veterinärmedizinische Universität Wien, Austria.
31. Hogg DA. 1980 A re-investigation of the centres of
ossification in the avian skeleton at and after
hatching. J. Anat. 130, 725–743.
32. Lansdown AB. 1970 A study of the normal
development of the leg skeleton in the quail
(Coturnix coturnix japonica). J. Anat. 106, 147–160.
33. Pourlis AF, Antonopoulos J. 2014 The ossification of
the pelvic girdle and leg skeleton of the quail
(Coturnix coturnix japonica). Anat. Histol. Embryol.
43, 294–300. (doi:10.1111/ahe.12076)
34. Sarin VK, Erickson GM, Giori NJ, Bergman AG, Carter
DR. 1999 Coincident development of sesamoid
bones and clues to their evolution. Anat. Rec. 257,
174–180. (doi:10.1002/(SICI)1097-0185(19991015)
257:5<174::AID-AR6>3.0.CO;2-O)
 on June 16, 2017http://rsos.royalsocietypublishing.org/Downloaded from 
